The Paleozoic-Mesozoic transition is characterized by the most massive extinction of the Phanerozoic. Nevertheless, an impressive adaptive radiation of herbivorous insects occurred on gymnosperm-dominated floras not earlier than during the Middle to Late Triassic, penecontemporaneous with similar events worldwide, all which exhibit parallel expansions of generalized and mostly specialized insect herbivory on plants, expressed as insect damage on a various plant organs and tissues. The flora from Monte Agnello is distinctive, due to its preservation in subaerially deposited pyroclastic layers with exceptionally preserved details. Thus, the para-autochthonous assemblage provides insights into environmental disturbances, caused by volcanic activity, and how they profoundly affected the structure and composition of herbivory patterns. These diverse Middle Triassic biota supply extensive evidence for insect herbivore colonization, resulting in specific and complex herbivory patterns involving the frequency and diversity of 20 distinctive damage types (DTs). These DT patterns show that external foliage feeders, piercer-and-suckers, leaf miners, gallers, and oviposition culprits were intricately using almost all tissue types from the dominant host plants of voltzialean conifers (e.g
INTRODUCTION
Continental arthropods and vascular plants have been major elements of terrestrial ecosystems worldwide for nearly 400 million years, and their varied ectophytic and endophytic associations can provide a unique and direct record of the plant-insect interactions in the past (e.g., Labandeira & Currano, 2013) . In 2006, Labandeira proposed four pulses of herbivore expansion, where the observed Palaeozoic arthropod herbivory patterns-covering the first two phases-are mainly expressed by damage patterns caused by mites and apterygote and/or basal pterygote herbivores on pteridophyte and basal gymnospermous plant hosts and are profoundly different from those that originated after the end-Permian mass extinction (Labandeira, 2006a; Labandeira, 2006b) . Preliminary work on plant-insect interactions from early to late Permian floras of the Southern Alps indicates a moderately diverse pattern of damage occurring in a variety of habitats prior to the P-Tr crisis (T Wappler, pers. obs., 2013) , penecontemporaneous with similar events in US Southwest (e.g., Schachat et al., 2014) , Gondwana (Adami-Rodrigues et al., 2004; Adami-Rodrigues, Iannuzzi & Pinto, 2004; Cariglino & Gutiérrez, 2011; Gallego, Cúneo & Escapa, 2014; Iannuzzi & Labandeira, 2008; Prevec et al., 2009; Slater, McLoughlin & Hilton, 2012 ), or Cathaysia (e.g., Glasspool et al., 2003 . Nevertheless, herbivory expansion 2 was profoundly disrupted by environmental perturbations at the P-Tr boundary. The Early Triassic has been traditionally viewed as an unusual time marked by suppressed origination rates and low diversity (e.g., Benton & Emerson, 2007) generally attributed to the effects of extreme environmental conditions inflicted on Early Triassic ecosystems (e.g., Looy et al., 1999; Grauvogel-Stamm & Ash, 2005; Roopnarine et al., 2007; Tong et al., 2007) but taphonomical biases cannot be excluded at least for European floras (Kustatscher et al., 2014) . In general, records of Early Triassic insects or of insect damage on plants are scant worldwide (comp. Table 1), so little is known about the mechanics and timing of diversification of this ecologically important group following the end-Permian mass-extinction event (Kustatscher et al., 2014; Labandeira & Currano, 2013) . Shcherbakov (2008a) even concluded that the entire class of insects was strongly reduced in diversity at the P-Tr boundary but following the end-Permian biotic crisis insect faunas already contained many elements common to modern insects (e.g., Aristov et al., 2013; Béthoux, Papier & Nel, 2005; Shcherbakov, 2008b; Lukashevich et al., 2010; Żyła et al., 2013; Haig et al., 2015) building the nucleus for the onset of the third pulse of herbivore expansion, coupled with an impressive adaptive radiation of herbivorous insects. Their associations with plants became significantly diverse being major elements for keystone communities in terrestrial ecosystems worldwide (e.g., Ash, 2014; Grauvogel-Stamm & Kelber, 1996; Kustatscher et al., 2014; Labandeira, 2006a; Labandeira, 2006b; Labandeira & Currano, 2013; McLoughlin, 2011; Moisan et al., 2012; Pott et al., 2008; Scott, Anderson & Anderson, 2004) . Simultaneously, a major three-phased floral change has been proposed for Europe and probably worldwide (e.g., Grauvogel-Stamm & Ash, 2005) . The first stage lasted from the Induan to early Anisian, which in Europe is characterized by a "survival" interval dominated by the lycopsid Pleuromeia Corda ex Giebel (1853) and conifers coupled with relatively low levels of plant-insect interactional diversity (Kustatscher et al., 2014) ; this is followed by a "recovery" interval characterized by the resurgence of lycopsids, sphenophytes, ferns, cycadophytes, conifers, ginkgophytes and seed ferns. The second stage occurred from the late Anisian to the Carnian. The third covers the Norian and Rhaetian • Specific herbivory patterns involving the frequency and diversity of 8 distinctive damage types (DTs)
• External feeding damage on Tongchuanophyllum. Neuropteridium, Pelourdea
• Mid-vein gall on Tongchuanophyllum
• Linear series of lenticular or ovoidal oviposition scars on Tongchuanophyllum stages, which is pivotal to understanding the evolution of trophically modern ecosystems (e.g., Benton, 2010; Labandeira, 2006b; Labandeira & Currano, 2013) . Thus, the late Middle Triassic (Ladinian) floras of the Dolomite Region in the Southern Alps of northeastern Italy provide an intriguing window into the early evidence for Herbivore Expansion 3. Ladinian floras from the Dolomites have been extensively studied in recent years (e.g., Kustatscher, Dellantonio & Van Konijnenburg-van Cittert, 2014; Kustatscher & Van Konijnenburg-van Cittert, 2005 and references therein), evidencing a dominance of conifers (Voltzia, Pelourdea), while cycadophytes, seed ferns, ferns, horsetails, and lycopsids are much rarer. Nevertheless, the flora from Monte Agnello is markedly distinct from other Ladinian floras of the Dolomites by its higher diversity and abundance in cycadophytes, seed ferns and ferns. It is currently the best documented and most diverse late Middle Triassic biota in the Alps documenting a rich vascular plant record, including moderate levels of external foliage feeding, piercing-and-sucking, galling, and ovipositional damage.
Of particular importance, from a taphonomic viewpoint, the Dolomites were subject to significant volcanic activity, beginning in the late Ladinian. Consequently, conditions for exceptional preservation were high. Although most of the volcanic complexes were submarine, locally, such as in the area of Predazzo, subaerial eruptive centers existed (Hoernes, 1912; Leonardi, 1967) , which alter the natural environment to variable extents and initiate very different effects on community composition, structure, function, and successional turnover on local and regional scales (e.g., Walker & Wardle, 2014) . This makes the Monte Agnello ideal for examining the response that such environmental perturbation had on community structures and offers the possibility to study the ecological expansion of interactional diversity recorded from the varied habitats.
Geological and paleontological setting
Monte Agnello (Fig. 1 ) represents an area that was marginally influenced by the Ladinian volcanic activity of the Predazzo volcano and is characterized by a well-preserved stratigraphic succession (e.g., Kustatscher, Dellantonio & Van Konijnenburg-van Cittert, 2014) . The 250 m thick volcanic succession is composed of "explosion breccia" at the base, followed by lava breccia, and alternations of lava flows and tuffs (Calanchi, Lucchini & Rossi, 1977; Calanchi, Lucchini & Rossi, 1978; Lucchini, Rossi & Simboli, 1982) . The "explosion breccia" comprises lithic fragments (calcareous, volcanic and metamorphic fragments, clastic rocks, isolated crystals), related to the Permo-Triassic volcano-sedimentary succession and the metamorphic basement (Vardabasso, 1930) . The lithic fragments of the breccia are bound by carbonate and/or chlorite-serpentine cement (Calanchi, Lucchini & Rossi, 1977) . The thickness of this "explosion breccia" varies between 25 m at Monte Agnello and 10 m at Censi. The volcanic succession accumulated mostly in a subaerial environment, and is related to explosive phreatic activity (e.g., bomb sags, antidunes, accretionary lapilli; Calanchi, Lucchini & Rossi, 1977; Lucchini, Rossi & Simboli, 1982) .
The flora is preserved in the tuff lenses at the base of the "explosion breccia" of the volcanic succession at Predazzo (Kustatscher, Dellantonio & Van Konijnenburg-van Cittert, 2014), which hinders an appropriate stratigraphic correlation between the diffrerent sites. Considering that they are related to one or perhaps a few phreatomagmatic events within the restricted time frame of late Ladinian volcanism the possible time difference between the single localities is however very reduced. The flora is composed of a large number of fronds, stems and reproductive organs of sphenophytes, ferns, seed ferns, cycadophytes and conifers. Due to the preservation in tuff layers, the organic material is missing and sometimes the remains are preserved only as impressions. Several stem fragments belong to the sphenophytes. The ferns are represented by Osmundaceae (Neuropteridium elegans (Brongniart) Schimper in Schimper & Schenk, 1879) , Matoniaceae (Phlebopteris fiemmensis Kustatscher, Dellantonio & Van Konijnenburg-van Cittert, 2014) and Dipteridaceae (Thaumatopteris sp.). For the latter two families, it is the oldest fossil occurrence to date for the Northern Hemisphere. Additional ferns of unknown botanical affinity are Cladophlebis ladinica Kustatscher, Dellantonio & Van Konijnenburg-van Cittert, 2014 
MATERIAL AND METHODS

Data collection
Fossil plant assemblages were quantitatively censused from multiple sites at the base of the "explosive breccia," that crops out on the northwestern slope of Monte Agnello-Censi, overlying a carbonate platform of late Anisian to Ladinian age (Sciliar Dolomite). About 684 specimens have been collected from eight distinctive sites denoted by the prefixes MA 1-MA 8 ( Fig. 1 and Table 2 ). Sample size ranges from 2 to 244 plant remains, depending primarily on the quality and accessibility of the fossils. For the quantitative study, each identifiable plant fossil was counted. Of the plant fossil specimens collected at Monte Agnello, all that were adequately preserved and exceeded a minimum size of 0.5 cm 2 were examined for insect damage. Parts and counterparts were matched whenever possible to avoid duplication. When possible, all specimens were assigned to a known species or plant morphotype. All analyzed specimens are housed at the Museo Geologico delle Dolomiti, Predazzo. Specimens occurring on the same rock slab are identified by different letters following the catalogue number whereas capital letters indicate parts and counterparts of the same specimen.
The most recent approach toward understanding the patterns of herbivory in the fossil record involves quantification of both the richness and intensity of insect damage (Wilf & Labandeira, 1999; Labandeira, Johnson & Lang, 2002; Labandeira et al., 2007; Kustatscher et al., 2014) . The richness of herbivory is determined first by establishing a classification system of distinctive, diagnosable damage types, or DTs, that can be used generally in studies of herbivore damage to plants. DTs then are grouped into functional feeding groups (FFG). Eight functional feeding groups are present in the Monte Agnello flora ((i) external foliage feeding, subdivided into hole, margin, surface feeding and skeleotization; (ii) piercing and sucking; (iii) oviposition, though not truly a feeding interaction but rather egg-laying that leaves a significant record of plant damage; (iv) mining and (v) galling). To date, over 290 fossil DTs have been identified (CC Labandeira, pers. comm., 2014) . Finally the DTs are ranked by their host specificity (HS), ranging from 1 for generalists to 3 for high host-plant specialization, which then allows non-generalized DTs (e.g., those with HS of 2 and 3) to be analyzed separately.
Each foliar element was photographed using a Canon EOS 30D camera with a Canon EF-S 60 mm f/2.8 macro lens or a Nikon Coolpix E4500. All photographs were optimized using Abobe Photoshop CS6 and Adobe Lightroom 5.
Quantitative analysis
Quantitative analyses of insect damage were done using R version 3.1.0 (www.r-project. org). For damage diversity analyses, sample size was standardized by selecting random subsets of foliar elements without replacement and calculating the damage diversity for the subsample. Subsets of the data were subjected to rarefaction using an analytic method detailed below, which extends the solution found by Wappler et al. (2012) to cases where individuals may belong to multiple classes and allows the explicit reconstruction of probability distributions for the rarefied sample (Heck, van Belle & Simberloff, 1975) . This process was repeated 5,000 times, and the results were averaged to obtain the standardized damage diversity for the bulk flora and four single sub-localities (MA1, MA5, MA7, MA8). The remaining sub-localities were removed from the census because the target sample size of at least 40 specimens was not reached. The standard deviations (SD) for the resamples were calculated to provide sample error bars.
RESULTS
Damage on the bulk Monte Agnello flora
Of the 684 plant remains examined from the Monte Agnello flora, 83, or 12.13%, exhibit some sort of damage represented by 20 different damage types. The taxa or morphotypes examined were represented by foliage, axes, stem fragments, fructifications, and dispersed seeds ( Table 2) . A total of 95 damage type occurrences were observed throughout the bulk flora: 45 on cycadophytes (representing 36.5% of all specimens), 37 on seed ferns (8.0%), ten on conifers (44.3%), and three on ferns (7.6%) ( Gunkel & Wappler, 2015) . Multiple DTs or functional feeding groups were only recorded in 1.6% of the plant remains whereas the majority were only damaged in one way (∼11%). Seven distinctive functional feeding groups have been detected on the foliar elements from Monte Agnello, most of which occur on particular plant hosts. Types of the external foliage feeding constitute 78.9% of all DT occurrences and preferentially occurred on the seed fern S. bergeri and consists of the exophytic consumption of live plant tissues, subdivided into skeletonization and margin-, hole-and surface feeding; this is the most common ensemble of Triassic damage types (Labandeira & Prevec, 2014; T Wappler, pers. obs., 2013) (Fig. 2) . Those of the galling FFG provided 11.5% of all DT occurrences and are more or less evenly distributed among conifers, ferns and seed ferns . Galling represents the most biologically complex of all major interactions, and represents arthropod-induced abnormal cell proliferation that can occur on all major plant organs (e.g., Kustatscher et al., 2014; Scott, Anderson & Anderson, 2004) ; examples are widely known (e.g., Stone & Schönrogge, 2003) . Oviposition, though not a feeding interaction, comprised 5.2% of all DT occurrences; examples are common (Ghosh, Kar & Chatterjee, 2015; McLoughlin, 2011) (Figs. 3E-3F and 1) . Minor levels of insect damage were present for piercing-and-sucking (2.1% of all DT occurrences; Fig.  3J ) and mining (1.1%; Fig. 3H ) FFGs. Leafminers construct distinct leaf mines, most of which are quite conspicuous and represent a form of endophagous herbivory in which a herbivore targets and feeds on fluid tissues such as phloem, mesophyll or epidermal cell protoplasts (Sinclair & Hughes, 2010) ; examples are uncommon and the possible mining structure on the pteridosperm Scytophyllum bergeri (Fig. 3H) indicates that the origin and diversification of the leaf-mining habit occurred about 92 million years before the first appearance of fossil angiosperms (Ash, 1997; Gnaedinger, Adami-Rodrigues & Gallego, 2014; Kustatscher et al., 2014; McLoughlin, 2011; Moisan et al., 2012; Pott et al., 2008) .
Damage on individual species
Among the 28 taxa represented at Monte Agnello less than half indicate some kind of damage, whereas, three-Scytophyllum bergeri, Bjuvia cf. dolomitica and Nilssonia sp.-are the most herbivorized taxa (71,6% of all DT occurrences) but only representing one-third of the flora ( Table 2 ). The most abundant plant species are the conifers Voltzia sp. (Fig.  3C) and Voltzia sp. 2, which have the lowest damage frequency (2.44-2.94%) of the common Monte Agnello taxa. Ferns are nearly equally as diverse as the seed ferns but damage frequency is at least ten times less abundant than among the seed ferns (Table 3 and Fig. 3D ). Sphenophytes displayed no signs of insect-mediated herbivory but the small number of sampled leaves open the possibility that more collecting and study may yet reveal damage to this group also.
Damage at distinct sub-localities
Plant material is generally preserved at the base of the "explosion breccia" at an angle to the bedding rather than compacted into a single horizon. Transport distance, therefore, must have been short, and burial was likely rapid. Thus, the fossil leaf assemblages must be considered as para-autochthonous (e.g., Hanley et al., 2007) . Minimal transport allows us to document considerable changes in species composition and insect folivory over short distances and recognize possible heterogeneity in the structure and composition of the source plant communities and their associated herbivores. Large-scale disturbances may profoundly alter the composition and structure of plant communities and are rarely uniform in their influence on vegetation (Kustatscher, Dellantonio & Van Konijnenburg-van Cittert, 2014) . Variations of floral composition and insect herbivore damage at the four sub-localities (MA1, MA5, MA7, MA8) censused are shown in Fig. 4 and Table 4 . MA1 has the highest floral diversity (22 ssp.), followed by MA5 (16 ssp.) and MA7 (15 ssp.). MA8 is an extremely low-diversity flora (7 ssp.). Interestingly, all sites are strongly dominated by a single plant group representing in all cases over half of the characteristic plant material at that site. The most abundant plant lineage at MA5-MA8 is conifers, whereas at MA1 57% of the taphocoenosis is composed of cycadophytes. However, when analyzing herbivory on individual host groups at the four sub-localities, total damage frequency and external foliage feeding is overwhelmingly found on seed-fern hosts (Fig. 4) , except MA7 where the preferred host-plants are cycadophytes. 
DISCUSSION
Volcanogenic deposits can preserve spatio-temporal biotic patterns at levels of resolution not commonly represented in the fossil record. Consequently, the plant-insect assemblages recognized in this study appear compositionally and ecologically unique (Currano et al., 2011; Dale, Swanson & Crisafulli, 2005) . The para-autochthonous early late Ladinian flora of the Monte Agnello (Dolomites, N-Italy) offers insights into the patterns of arthropod herbivory during the beginning of the third pulse of herbivore expansion (sensu Labandeira, 2006a; Labandeira, 2006b; Labandeira & Currano, 2013 : Fig. 1) . It also provides insights into the way herbivores responded to environmental perturbation and the reorganization of community structure. Even though our data are preliminary, the palaeoecological and temporal setting of the early late Ladinian flora of the Monte Agnello in the Dolomites supports three major conclusions that parallel those drawn from data known from intensively studied Gondwanan sites.
(1) Dominance of seed plant herbivory. The dominance of seed plant herbivory by local arthropod herbivores, particularly that known since the Permian across western Euamerica (e.g., Schachat et al., 2014) , Europe (Geyer & Kelber, 1987; T Wappler, pers. obs., 2013 ), Cathaysia (Glasspool et al., 2003 , and in the extensive glossopteriddominated floras across Gondwana (e.g., Cariglino & Gutiérrez, 2011; McLoughlin, 2011; Prevec et al., 2009 ) is also a conspicuous component of the late Anisian to Ladinian environments. This documents the persistence of the preferential targeting of selected groups of seed plants, like the cycadopytes in Monte Agnello, particularly by external foliage feeders. The pattern could be interpreted to support Feeny's apparency hypothesis (Feeny, 1976) , as seed plants were the most abundant and conspicuous, and therefore would have been the most apparent to herbivore consumption. However, for the Monte Agnello data, a more likely explanation favors increased herbivory on particular plants due to the anatomy of their leaves, suggesting that particular physical traits, like the scleromorphic structures of conifer taxa, reduce the palatability and digestibility of such plant material or act as a deterrent when more palatable plants are available (Labandeira & Anderson, 2005) .
(2) Increase of interactional diversity and rise of the leaf-mining habit. There is an increase in plant-insect interactional diversity during the Early to Late Triassic in eastern Euamerica and Gondwana regions (e.g., Kustatscher et al., 2014; Scott, Anderson & Anderson, 2004) , coupled with an increase in the diversity of FFGs, DTs, and associated herbivore behaviors observed at Monte Agnello, compared to insect damage from earlier known floras (e.g., Kustatscher et al., 2014) . Of particular importance is the presence of the leaf-mining habit in which holometabolous insect larvae consume the inner parenchymal, epidermal, vascular, or other tissues of a plant, leaving the outer wall of the epidermis undamaged (Hering, 1951) . The earliest documented leaf-mining fossil records have been reported from Kyrgyzstan, Austria, Australia and South Africa in deposits of Middle to Late Triassic age (comp. Table 1) .
(3) Volcanic activity and site-specific habitat differences. The data presented here show that volcanogenic deposits are valuable for the creation and preservation of in situ sequential stages of biotic change not commonly represented in the fossil record. These episodic volcanic activities directly influenced the evolution of the environment, spatial structure and temporal dynamics of the plant community and the herbivores associated with the plants, resulting in vegetational heterogeneity had impact on both the likelihood and strength of interactions between plants and insect herbivores (e.g., Agrawal, Lau & Hambäck, 2006; Currano et al., 2011) . Therefore, the heterogeneity among the sub-localities indicates that volcanic disturbance caused compositional and structural changes in the ecosystem during the time it occupied the site, which explain variations in plant physiognomy, plant and insect herbivore composition, and the overall paleoecology (Table 4 ). This conclusion is supported by (1) the spatial variability in the percentage of herbivorized plant host specimens, (2) the elevated number of DTs on each host plant, and (3) the differences in evenness and the relative abundance distributions of damage among the single sub-localities.
These conclusions warrant further verification from investigations of additional new sites to clarify patterns of arthropod herbivory during this crucial period of time where terrestrial ecosystems were beginning to become modern.
Institutional abbreviations
MGP
Museo Geologico delle Dolomiti Predazzo Specimens occurring on the same rock slab are identified by different capital letters following the catalogue number.
